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Abstract
Reinforcement Sensitivity Theory (RST) proposes a widely used taxonomy of human personality linked to individual
differences at both behavioral and neuropsychological levels that describe a predisposition to psychopathology. However,
the body of RST research was based on animal findings, and little is known about their anatomical correspondence in
humans. Here we set out to investigate MRI structural correlates (i.e. voxel-based morphometry) of the main personality
dimensions proposed by the RST in a group of 400 healthy young adults who completed the Sensitivity to Punishment and
Sensitivity to Reward Questionnaire (SPSRQ). Sensitivity to punishment scores correlated positively with the gray matter
volume in the amygdala, whereas sensitivity to reward scores correlated negatively with the volume in the left lateral and
medial prefrontal cortex. Moreover, a negative relationship was found between the striatal volume and the reward
sensitivity trait, but only for male participants. The present results support the neuropsychological basis of the RST by
linking punishment and reward sensitivity to anatomical differences in limbic and frontostriatal regions, respectively. These
results are interpreted based on previous literature related to externalizing and internalizing disorders, and they highlight
the possible role of SPSRQ as a measure of proneness to these disorders.
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Introduction
The role of specific brain systems in personality development
has long been hypothesized (i.e. Pavlov, 1941; Eysenck, 1960). One
of the most influential models proposed in the past 50 years is
Reinforcement Sensitivity Theory (RST; Gray, 1970; Gray, 1982;
Gray and McNaughton, 2000; Pickering and Gray, 2001; Corr,
2008; McNaughton and Corr, 2008; Corr and McNaughton, 2012),
which proposes a detailed neuropsychological description of the
neural circuits underlying personality and psychopathological
predisposition. The current version of the RST proposes three
different systems responsible for taking control of behavior
in the presence of emotional stimuli. The fight-flight-freeze
system (FFFS) is neurally represented by an interconnected
circuit comprising the amygdala (fear perception) and the medial
hypothalamus and periaqueductal gray matter (behavioral
response), and it mediates reactions to aversive stimuli, pro-
moting defensive avoidance behavior. The behavioral inhibition
system (BIS) has traditionally been related to the septo-
hippocampal system, although in the last revision of the theory
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(Gray and McNaughton, 2000; McNaughton and Corr, 2004), the
amygdala was also included, and it responds specifically to
goal conflict (i.e. approach–approach, approach–avoidance or
avoidance–avoidance) to initiate defensive approach behavior.
Finally, the behavioral approach system (BAS) is dependent
on the frontostriatal system, mainly the ventral [nucleus
accumbens (NAcc)] and dorsal (caudate nucleus) striatum and its
dopaminergic connections to the prefrontal lobe, and it mediates
reactions to appetitive stimuli, promoting approach.
Although the description of the three neural systems should
involve three different personality dimensions, the currently
most accepted RST framework solution shows the existence of
two general traits (Perkins et al., 2007). The first is punishment
sensitivity, which depends on the combination of the FFFS and
BIS systems in a global fear/anxiety dimension, and the second
is reward sensitivity, which is associated with the BAS. These
two dimensions could be assessed with specific measures such
as the BIS/BAS scales, the SPSRQ or the combination of the
extraversion and neuroticism dimensions of the EPQ (Torrubia
et al., 2008). Overall, the different punishment sensitivity mea-
sures typically show stronger correlations with each other (and
with anxiety and fear measures), whereas the reward sensitivity
measures only have moderate relationships with each other
(Caseras et al., 2003).
Predictions of RST are very precise in the field of learning and
conditioning. The theory postulates that individual differences
in the activity of the FFFS/BIS and the BAS would be associated
with (i) a different capacity to detect aversive and appetitive
stimuli, respectively and (ii) a different probability and intensity
of emitting defensive and approach responses in the presence
of these stimuli (see Ávila and Torrubia, 2008; Corr, 2008, for
reviews). Different studies have confirmed that individuals with
higher scores on measures of FFFS/BIS activity have better learn-
ing in the presence of aversive conditioned stimuli and a greater
probability of behavioral inhibition and better learning of the
contingencies in aversive contexts. Similarly, individuals with
higher scores on BAS measures have better learning and make
more intense and probable approach responses in appetitive
contexts.
RST has acquired great relevance in relating individual
differences in the functioning of the FFFS, BIS, and BAS to
the vulnerability to different psychopathologies. The RST
formulation has related high FFFS activity to panic and phobic
disorders (Barlow, 1988) and high BIS activity to generalized
anxiety disorders (Maack et al., 2012). At the other extreme,
evidence exists relating low BIS activity to psychopathy in
adults (Fowles, 1980; Newman et al., 2005) and to the presence
of callous/unemotional traits in children (Quay, 1988; Blair,
2003). In addition, some proposals relate high BAS activity to
disinhibitory disorders such as attention-deficit/hyperactivity
disorder (ADHD; Newman and Wallace, 1993; Nigg, 2001; Mitchell
and Nelson-Gray, 2006) or drug addiction (Sher and Trull, 1994;
Franken et al., 2006). At the opposite extreme, some reports
have related depressive disorders to lower BAS activity (Pinto-
Meza et al., 2006; Kimbrel et al., 2007). Overall, all these data
link punishment sensitivity to the presence of internalizing
disorders and reward sensitivity to externalizing disorders
(Bijttebier et al., 2009; Slobodskaya, 2016).
Although the detailed description of the brain circuits
involved in these systems is one of the strongest points of
the theory, this description is based on animal studies, and
less research has been dedicated to verifying it in humans.
The first attempt to test the neuropsychological basis of RST
in the human brain was carried out by Barrós-Loscertales
et al. (2006b), who reported a negative association between
BAS activity and gray matter (GM) volume in the striatum
and prefrontal cortex. Since then, only one study conducted
in a large sample has provided new evidence relating BAS
measures and brain anatomy (Holmes et al., 2016). In this study,
a composite measure of novelty seeking was associated with
reduced cortical thickness in brain areas related to cognitive
control, such as the dorsal anterior cingulate cortex, the lateral
prefrontal cortex and the supramarginal gyrus. Consistent
with these anatomical studies, a DTI study that used the TCI
of Cloninger showed that the two scales related to reward
sensitivity were associated with different connectivity measures
of the striatum (Lei et al., 2014). Specifically, the novelty-
seeking scale was related to stronger connectivity between
the striatum and the hippocampus/amygdala, whereas the
reward dependence scale was related to stronger connectivity
between the striatum and different medial and lateral areas
of the prefrontal cortex. On the other hand, Barrós-Loscertales
et al. (2006a) first linked BIS activity to higher GM volume in
the amygdala and the hippocampus. However, these results
have only been partially replicated. Previous studies only found
associations with BIS measures in the amygdala (Iidaka et al.,
2006) or the hippocampus (Cherbuin et al., 2008; Levita et al.,
2014), whereas other studies found a relationship with both
structures (Holmes et al., 2012). Thus, these previous studies have
produced different results, and so further research is required to
address this controversy.
Thus, the aim of the current study was to investigate
the brain regions associated with the personality dimensions
depicted in the RST. Specifically, our objective was to extend
our previous reports (Barrós-Loscertales et al., 2006a; Barrós-
Loscertales et al., 2006b) in a larger sample consisting of males
and females. Additionally, we also conducted further analyses
in order to investigate possible differences by sex. Based on
previous studies, we hypothesized that an overactive BAS
would be associated with lower GM volume in prefrontal and
striatal areas, whereas an overactive FFFS/BIS would be linked
to greater GM volume in the amygdala and hippocampus.
Because personality traits in their extreme forms are considered
vulnerability factors for personality and mood disorders
(Gray and McNaughton, 2000; Bijttebier et al., 2009; Corr and
McNaughton, 2015), greater knowledge about the underlying
neural correlates of personality should also contribute to
better understand these clinical conditions in unmedicated
participants. Therefore, our reports would add new evidence to
the RST model as a valid neuropsychological framework to study
the proneness to psychopathological disorders in humans.
Materials and methods
Participants
Four hundred participants (233 males, 167 females; mean age
23.08, s.d. 5.32; range 18–44 years; years of education 14.46, s.d.
2.22) were studied after giving their prior informed consent.
All the participants were recruited from a community sample
through local advertisements and word of mouth. Most of them
were undergraduate students (94.75%), given that our research
group is integrated in a university campus. Participants had no
history of neurological or psychiatric disorders, major medical
illnesses or traumatic brain injury with loss of consciousness.
Additionally, all participants were right-handed, according to the
Edinburgh Handedness Inventory (Oldfield, 1971; Bryden, 1977).
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The experiment was approved by the Ethical Committee of the
University Jaume I (Spain).
Personality measurement
The Sensitivity to Punishment and Sensitivity to Reward
Questionnaire (SPSRQ; Torrubia et al., 2001) was used to assess
individual differences in personality. The SPSRQ provides
two subscales; sensitivity to reward (SR) and sensitivity to
punishment (SP), in order to evaluate the activity of the BAS
and BIS/FFFS subsystems, respectively.
MRI acquisition and voxel-based morphometry
Images were all acquired with the same 1.5-T Siemens Avanto
scanner (Erlangen, Germany). A high-resolution structural
T1-weighted MPRAGE sequence was acquired (TE, 3.8 ms;
TR, 2200 ms; flip angle, 15◦; matrix, 256 × 256 × 160 mm;
voxel size, 1 mm3). Voxel-based morphometry (VBM) was
performed with the VBM8 toolbox (version r445; http://dbm.
neuro.uni-jena.de/vbm/) for the SPM8 package (version 6313;
Wellcome Department of Imaging Neuroscience, London, UK).
We performed the standard pre-processing procedure suggested
in the VBM8 manual, which included (i) segmentation of the
images into GM, white matter and cerebrospinal fluid, (ii)
registration to a standard template provided by the International
Consortium of Brain Mapping, (iii) DARTEL normalization of
the GM segments to the MNI template and (iv) modulation by
non-linear components derived from spatial normalization.
After the pre-processing, a data quality check was carried
out by analyzing the sample homogeneity using covariance.
Ten participants showed a covariance of at least two standard
deviations below the mean; however, only two participants were
identified as outliers (poor data quality) and excluded from the
final sample. Finally, images were spatially smoothed using an
8 mm FWHM Gaussian kernel.
Statistical analysis
Voxel-wise regression analyses were performed by taking GM
volume as the dependent variable and scores on the SR and
SP scales as covariates of interest within the framework of the
general linear model in SPM8. We also added age, sex and years
of education as nuisance covariates in order to control possible
effects on brain volume. In addition, the absolute threshold
masking was set at 0.20 to ensure that we only selected GM vox-
els. Finally, our results at the cluster level were also corrected for
non-stationary smoothing.
The statistical significance threshold for the whole-brain
analysis was determined following recent recommendations
by Chen et al. (2019). Therefore, we established a voxel-level
primary threshold of P < 0.0005 uncorrected, whereas we
thresholded the obtained results at P < 0.025 FWE corrected
at the cluster level. In addition, we also investigated focal VBM
differences in small a priori regions of interest (ROIs). Based on
the key regions involved in the BAS, BIS and FFFS subsystems,
these ROIs were located in reward-related areas (NAcc and
caudate) for the SR analyses and in punishment-related areas
(amygdala and hippocampus) for the SP analyses. All the ROIs
were defined for each hemisphere using the atlas provided by
Neuromorphometrics, Inc. (http://Neuromorphometrics.com/)
under academic subscription. Furthermore, as our previous
study found differences in the anterior hippocampus (Barrós-
Loscertales et al., 2006a), and this region has previously been
related to anxiety-related behaviors (Bannerman et al., 2004;
Fanselow and Dong, 2010), we decided to include this area as
a ROI for the SP analysis. For this purpose, the left and right
hippocampus were traced manually on contiguous coronal
slices in an MNI template following the guidelines of Watson
et al. (1992) and Hasboun et al. (1996). This segmentation was
carried out by an expert tracer using the MRIcron software.
Moreover, because the amygdala and the anterior segment
of the hippocampus are adjacent structures, we applied an
exclusive mask (the amygdala ROI) to the anterior hippocampal
ROI in order to remove all the possible voxels contained in the
anterior hippocampus that could be overlapping voxels in the
amygdala. All the ROIs included in the SR and SP analyses
are shown in Figure 1. The modulated GM volumes (without
smoothing) were obtained for each ROI via a MATLAB script
(http://www0.cs.ucl.ac.uk/staff/g.ridgway/vbm/get_totals.m),
also applying an absolute threshold masking of 0.20. After that,
partial correlations (one tailed based on a priori hypotheses)
were performed using IBM SPSS Statistics 25 (Armonk, NY:
IBM Corp.), including GM volumes and scores on the SR and
SP scales as variables, controlling for age, sex and years of
education. Because we used four ROIs for the SR (left and right
NAcc and caudate) and SP (left and right amygdala and anterior
hippocampus) analyses, the statistical threshold for multiple
comparisons (P < 0.05 FWE) was set at P < 0.0125. Finally,
because in our previous studies (Barrós-Loscertales et al., 2006a;
Barrós-Loscertales et al., 2006b) the sample consisted only of
male participants, we decided to conduct a new set of analyses
in order to investigate possible sex differences. Thus, we carried
out an omnibus model in SPM8 by calculating an interaction
term with sex (including age and years of education as nuisance
covariates). At the ROI level, as the analyses were performed
in SPSS, sex differences were computed by analyzing the
difference between the correlation coefficients using Fisher’s
z test.
Fig. 1. ROIs included in the SR and SP analyses. The anterior hippocampus corresponds to a previous manual segmentation. Red: amygdala; green: anterior
hippocampus; blue: caudate; violet: nucleus accumbens.
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∗∗ P < 0.01, ∗P < 0.05 (two-tailed t-tests). Volumetric data are reported in milliliters. The three first columns show mean, s.d. (in parentheses) and range (in italics) of
each variable. NAcc: nucleus accumbens.
Results
Personality scores
Participants’ mean score on the SR scale was 10.54 (s.d. 4.68),
and the internal consistency was good (Cronbach’s α = 0.81). The
mean score on the SP scale was 9.67 (s.d. 5.24), and its internal
consistency was also high (Cronbach’s α = 0.85). Furthermore, SR
and SP did not show any relationship with each other (r = −0.05;
P = 0.371). Personality, demographic and raw volume data for
males and females are summarized in Table 1.
Sensitivity to reward
The voxel-wise GM analysis for the whole sample showed a
negative correlation between SR scores and GM volume in frontal
and temporal areas (see Table 2 for details). The most relevant
reductions were located in the medial prefrontal cortex (from
dorsomedial to ventromedial regions and also including the
dorsal anterior cingulate cortex) and the left lateral prefrontal
cortex, with a cluster extending from the middle to the inferior
frontal cortex (Figure 2A and Figure 3). No positive correlations
were found between SR scores and GM volume. Moreover, the
omnibus model did not reveal any significant differences by
sex.
The partial correlations between SR scores and striatal ROI
volumes appear on Table 3. Contrary to our hypothesis, the
expected negative relationship between SR scores and striatum
volume was only significant in males for the left NAcc and
caudate volumes. Results of Fisher’s z tests comparing the
correlation coefficients between males and females reached
significance only for the left NAcc (z = −1.83; P = 0.034; Figure 2B).
Sensitivity to punishment
The voxel-wise GM analyses for the whole sample did not show
any significant negative or positive correlations with the SP
scale. Similarly, the omnibus model did not reveal any significant
differences by sex.
At the ROI level, we observed a significant positive correlation
between the scores on the SP scale and the GM volume in the
left amygdala (r = 0.15; P = 0.002, FWE corrected; Figure 2C).
Moreover, when analyzing the correlation coefficients in males
and females, only the left amygdala showed a significant,
positive association in males (Table 4). However, Fisher’s z test
did not show any significant differences between males and
females.
Discussion
In the present study, we aimed to reveal the neuroanatomical
anatomical base underlying individual differences in the main
personality dimensions depicted by the RST in a sample of 400
healthy participants studied with the same MRI scanner. Con-
sistent with previous research, our results showed that scores
on the SP scale were positively associated with the GM volume
in the left amygdala. Regarding SR, we found a direct negative
relationship between reward sensitivity and the volume of the
left lateral and medial prefrontal cortex. Furthermore, we have
replicated our previous results relating this dimension to the
striatum volume (Barrós-Loscertales et al., 2006b), although this
result was not found in females. Thus, the main personality
dimensions derived from the RST that measure vulnerability to
the main psychopathological entities have been associated with
differences in GM volume in target emotional brain areas. These
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Table 2. Brain regions showing a negative correlation between SR scores and the voxel-wise GM volume
Region Hemisphere Coordinates
MNI x, y, z
t-scores k-voxels P-value
Inferior frontal (pars opercularis) L −56, 8, 21 4.87 1731 0.0004
Middle frontal L −30, 45, 28 4.84
Inferior frontal (pars triangularis) L −45, 44, 13 4.43
Precentral L −54, −3, 30 4.23
Inferior frontal (pars orbitalis) L −47, 20, −6 3.86
Anterior cingulate L −2, 50, 1 4.37 1489 0.0008
Medial superior frontal L −6, 62, 15 4.17
Medial superior frontal R 3, 57, 15 3.95
Middle temporal L −51, −30, 4 4.45 851 0.008
Superior temporal L −59, −15, 6 4.15
Insula L −38, −16, −2 3.65
R: right; L: left; P < 0.05 FWE cluster-level corrected (two-tailed tests).
Fig. 2. A) Correlation between SR scores and GM volume in the left lateral and medial prefrontal clusters derived from the voxel-wise multiple regression analysis in
the whole sample (controlling for age, sex and years of education). B) Partial correlations for males and females showing a GM reduction in the left NAcc in males with
high SR in comparison with females (after regressing out age and years of education). C) Partial correlation of the left amygdala GM volume with SP scores in the whole
sample (after regressing out age, sex and years of education). NAcc, nucleus accumbens; PFC, prefrontal cortex.
results reinforce the usefulness of the SPSRQ in measuring indi-
vidual differences in the neuropsychological systems depicted
by the RST.
Our results are consistent with the RST and previous reports
relating a greater GM volume in the amygdala to the scores on
the SP scale from the SPSRQ (Barrós-Loscertales et al., 2006a), on
the Harm Avoidance scale (Iidaka et al., 2006) and on Neuroticism
(Koelsch et al., 2013). Furthermore, in a study conducted in a
large sample (Holmes et al., 2012), the authors reported a GM
increase in the amygdala associated with scores on a customized
scale based on behavioral inhibition and trait negative affect
measures. Studies in healthy children have also demonstrated
that inhibited or anxious personalities are linked to greater
amygdala volume (Clauss et al., 2014; Qin et al., 2014). When
studying pathological populations, enlargement of the amygdala
has been reported in adults, children and adolescents with
Generalized Anxiety Disorder (De Bellis et al., 2000; Etkin et al.,
2009; Schienle et al., 2011) and in adults with depression
(Bremner et al., 2000; Tebartz van Elst et al., 2000; Lange and
Irle, 2004; van Eijndhoven et al., 2009; Vassilopoulou et al., 2013),
although results with depressive patients can vary depending
on medication effects (Hamilton et al., 2008). Moreover, the
amygdala structure has also been associated with certain
genetic alleles in panic disorder (Smoller et al., 2014). At
the opposite pole, the presence of psychopathic or callous/
unemotional traits in children and adult populations has been
consistently associated with lower amygdala volume (Yang
et al., 2009; Pardini et al., 2014; Vieira et al., 2015; Aghajani
et al., 2016; Coccaro et al., 2016; Cohn et al., 2016), which
has also been associated with conduct problems in youths
(Rogers and De Brito, 2016). Among the different factors that
contribute to modulating the amygdala volume, previous
studies have reported the influence of genetic factors (Smoller
et al., 2014) and early experiences with adverse situations
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Fig. 3. Negative correlation between scores on the SR scale and GM volume in the left lateral and medial prefrontal cortex and superior temporal regions (P < 0.05 FWE
corrected, two-tailed). Bar color represents t-values. L, left; R, right.
(Howell et al., 2014). Regarding the hippocampal volume, contrary
to our expectations, the expected positive association between
SP scores and GM volume in the anterior hippocampal ROI
did not reach significance. Although previous studies have
found a significant relationship between the GM volume in the
hippocampus and scores on BIS measures (Barrós-Loscertales
et al., 2006a; Cherbuin et al., 2008; Holmes et al., 2012; Levita
et al., 2014), some methodological issues could account for
these differences. One of them could be associated with
the sample, as these previous studies were carried out with
reduced sample sizes (Barrós-Loscertales et al., 2006a; Levita
et al., 2014) or focused on a specific age range (middle-aged
adults, who differ significantly from our sample; Cherbuin et al.,
2008). Another methodological issue would be associated with
the segmentation methods because, in contrast to our study,
manual (Cherbuin et al., 2008) and automated (via FreeSurfer,
Holmes et al., 2012; Levita et al., 2014) segmentations were
applied to delimitate the amygdala and the hippocampus.
Additionally, the study by Holmes et al. (2012) was carried out
by taking a composite score of negative affect, which impedes
the comparison with a direct single-scale score (i.e. SP). In
addition, in the study by DeYoung et al. (2010), the authors
did not find a positive association between the hippocampus
and Neuroticism. In fact, they reported an inverse correlation
between Neuroticism scores and hippocampal GM volume.
Thus, further studies are needed to address the discrepancies
about the involvement of the hippocampus and its anatomical
correlates in behavioral inhibition. All in all, our results are
in line with the last update of the RST and previous studies
on the involvement of the amygdala in both fear and anxiety
(McNaughton and Corr, 2004) and internalizing disorders.
The results have also shown a link between SR scores
and reduced cortical volume in the lateral prefrontal cortex.
The observed relationship was consistent with a recent study
conducted in a large sample using impulsivity and sensation-
seeking measures (Holmes et al., 2016) and with other studies
Table 3. Partial correlations (r) between a priori ROIs and scores on







Left NAcc −0.09 −0.17∗ 0.02
Right NAcc −0.03 −0.06 0.01
Left caudate −0.09 −0.15∗ −0.00
Right caudate −0.09 −0.13 −0.04
One-tailed t-tests; ∗P < 0.05 FWE corrected.
Table 4. Partial correlations (r) between a priori ROIs and scores on







Left amygdala 0.15∗ 0.15∗ 0.13







One-tailed t-tests; ∗P < 0.05 FWE corrected.
that used the same self-reported measure of impulsivity (i.e.
the Barratt Impulsivity Scale; Matsuo et al., 2009; Schilling et al.,
2012; Cho et al., 2013). In addition, some studies have found
that participants with lower GM volume in this region show
a preference for immediate rewards on a delay-discounting
measure (Bjork et al., 2009; Mohammadi et al., 2016; Wang
et al., 2016; Wang et al., 2017). Therefore, less GM volume
and cortical thickness in the lateral prefrontal area may
predispose these people to worse cognitive control, which
may determine a different probability of involvement in risky,
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goal-directed activities such as substance use (Holmes et al.,
2016). Consistent with previous studies on impulsivity (Cho
et al., 2013; Korponay et al., 2017), SR also correlated negatively
with the volume in the medial prefrontal cortex, a brain area
crucial for evaluating rewarding stimuli (Hayes et al., 2014;
Hiser and Koenigs, 2018), especially in subjective value-based
decision-making (Bartra et al., 2013; Clithero and Rangel, 2014;
Acikalin et al., 2017). Moreover, this region has traditionally
been established as a key region for emotion regulation
[via top-down regulatory control of limbic areas (Ridderinkhof
et al., 2004; Etkin et al., 2011; Kim et al., 2011)]. Hence, the pattern
of GM associated with the reward sensitivity dimension found
in our study suggests that individuals with an overactive BAS
have worse emotional control of reward experiences, facilitating
goal-directed behavior in risky situations or even engagement
in more violent behaviors (Coccaro et al., 2018). Furthermore,
these reductions in prefrontal areas have also been related
to externalizing disorders, principally substance use disorders
(see Yang et al., 2016, for a meta-analysis on alcohol; Kaag et al.,
2018) or even behavioral addictions, such as Internet gambling
disorder (Yao et al., 2017).
Contrary to our expectations, the association between striatal
volume and SR scores was modulated by sex. The negative
correlation between the volume of the striatum and SR scores
was observed in males but not in females. This result verified
our previous results in males (Barrós-Loscertales et al., 2006b)
and clarified that this relationship does not extend to females.
Interestingly, this differential pattern in males vs females in stri-
atal areas was discussed in a recent paper (Caravaggio et al., 2017)
in which impulsivity scores, measured by the TCI of Cloninger,
correlated negatively with the striatal volume in males but not
in females. Furthermore, a recent prospective study reported a
correlation between striatal volume and Facebook use but noting
that effect sizes were clearly higher in males than females
(Montag et al., 2017). Regarding its clinical impact, smaller
striatal volumes have been reported in a number of externalizing
disorders associated with an overactive BAS, with a higher
prevalence in males. Some of these disorders included cocaine
addiction (Barrós-Loscertales et al., 2011; Moreno-López et al.,
2012), alcoholism (Makris et al., 2008; Yang et al., 2016), nicotine
addiction (Das et al., 2012), pornography consumption (Kühn
and Gallinat, 2014) and ADHD (see Hoogman et al., 2017,
for a mega-analysis).
The explanation of this sex effect is less clear. Animal
research has linked differences in the dopaminergic function
to sex-specific transcriptome profiles within the NAcc (Hodes
et al., 2015), with females being more susceptible to stress cues
(i.e. less prone to reward-related behaviors, in comparison
with males). However, these different transcriptome profiles
could be associated with complex genetic and/or hormonal
interactions (Becker and Chartoff, 2019). In humans, the sex
effect on the striatal volume has also been associated with
different functioning of the striatal dopaminergic system
(i.e. dopamine receptor availability; Caravaggio et al., 2017).
Moreover, the volume of the NAcc has been associated with
changes in testosterone levels during adolescence in males
(Wierenga et al., 2018), coinciding in time with the maximum
activity during processing of reward stimuli (Braams et al., 2015).
Thus, although more research is needed, genetic, hormonal
and developmental factors may contribute to sex effects on the
relationship between striatum volume and reward sensitivity. In
addition, we should also take into account that these differences
could be influenced by sex-specific behaviors in variables related
to health and lifestyle; thus, future studies should also address
the neuropsychological impact of these variables. In sum, we
found an association between SR scores and the GM volume
in frontostriatal areas, pointing to the link between individual
differences in personality traits and brain structures found to be
relevant in the development of externalizing disorders.
Since 1970, RST has developed into a sophisticated model of
emotion, motivation, personality, psychopathology and neuro-
science. Overall, our study adds new evidence to previous reports
linking brain structure and personality traits, revealing that the
amygdala, the striatum (especially in males) and the prefrontal
cortex are key regions associated with personality development.
These results strengthen the role of the SPSRQ in measuring the
main dimensions of the RST and the usefulness of this model
as a good, validated framework with which to investigate the
predisposition to psychopathology.
Finally, our study has some limitations. Although we reported
significant brain correlates of RST in a large sample, surface-
based metrics could account for more specific effects than VBM.
Indeed, VBM is a product of cortical thickness and surface area;
however, the two measures have been shown to be geneti-
cally dissociated (Panizzon et al., 2009). Thus, future research
should address this issue in order to better comprehend the
biological underpinnings of personality traits. Another limita-
tion would be related to the SPSRQ because this questionnaire
provides a unique, combined measure (the SP scale) of the BIS
and FFFS. Although both systems are strongly associated with
the punishment sensitivity dimension and share neuroanatom-
ical structures (i.e. the amygdala), they are described as sep-
arate neuropsychological systems. Nonetheless, no agreement
exists about how the BIS and FFFS can be psychometrically iso-
lated. Hence, future studies are required to address this question
because the factorization of the SP scale would provide more
accurate measures of the BIS and FFFS.
Funding
This work was supported by grants from Generalitat Valenciana
(PROMETEO/2017/109) and Ministerio de Economía y Competi-
tividad (PSI2016–78805-R) to C.A. Also, this work was supported
by a pre-doctoral graduate program grant (National FPU to
J.A-V.) and a post-doctoral graduate program grant (Juan de la
Cierva to V.C.).
References
Acikalin, M.Y., Gorgolewski, K.J., Poldrack, R.A. (2017).
A coordinate-based meta-analysis of overlaps in regional
specialization and functional connectivity across subjective
value and default mode networks. Frontiers in Neuroscience,
11, 1.
Aghajani, M., Klapwijk, E.T., van der Wee, N.J., et al. (2016).
Disorganized amygdala networks in conduct-disordered
juvenile offenders with callous-unemotional traits. Biological
Psychiatry, 82, 283–93
Ávila, C., Torrubia, R. (2008). Performance and conditioning
studies. In: Corr, P.J., editor. The Reinforcement Sensitivity Theory
of Personality, New York: Cambridge University Press, 228–60.
Bannerman, D.M., Rawlins, J.N.P., McHugh, S.B., et al. (2004).
Regional dissociations within the hippocampus—memory and
anxiety. Neuroscience and Biobehavioral Reviews, 28, 273–83.
Barlow, D.H. (1988). Anxiety and its Disorders: The Nature and
Treatment of Anxiety Disorder, New York: Guilford.
336 Social Cognitive and Affective Neuroscience, 2019, Vol. 14, No. 3
Barrós-Loscertales, A., Garavan, H., Bustamante, J.C., et al. (2011).
Reduced striatal volume in cocaine-dependent patients.
NeuroImage, 56, 1021–6.
Barrós-Loscertales, A., Meseguer, V., Sanjuán, A., et al.
(2006a). Behavioral Inhibition System activity is associated
with increased amygdala and hippocampal gray matter
volume: a voxel-based morphometry study. NeuroImage, 33,
1011–5.
Barrós-Loscertales, A., Meseguer, V., Sanjuán, A., et al. (2006b).
Striatum gray matter reduction in males with an overactive
behavioral activation system. European Journal of Neuroscience,
24, 2071–4.
Bartra, O., McGuire, J.T., Kable, J.W. (2013). The valuation system:
a coordinate-based meta-analysis of BOLD fMRI experiments
examining neural correlates of subjective value. NeuroImage,
76, 412–27.
Becker, J.B., Chartoff, E. (2019). Sex differences in neural mecha-
nisms mediating reward and addiction. Neuropsychopharmacol-
ogy, 44, 166–83.
Bijttebier, P., Beck, I., Claes, L., et al. (2009). Gray’s Reinforcement
Sensitivity Theory as a framework for research on personality–
psychopathology associations. Clinical Psychology Review, 29,
421–30.
Bjork, J.M., Momenan, R., Hommer, D.W. (2009). Delay discounting
correlates with proportional lateral frontal cortex volumes.
Biological Psychiatry, 65, 710–3.
Blair, C. (2003). Behavioral inhibition and behavioral activation in
young children: relations with self-regulation and adaptation
to preschool in children attending Head Start. Developmental
Psychobiology, 42, 301–11.
Braams, B.R., van Duijvenvoorde, A.C.K., Peper, J.S., et al. (2015).
Longitudinal changes in adolescent risk-taking: a compre-
hensive study of neural responses to rewards, pubertal
development, and risk-taking behavior. Journal of Neuroscience,
35, 7226–38
Bremner, J.D., Narayan, M., Anderson, E.R., et al. (2000). Hippocam-
pal volume reduction in major depression. American Journal of
Psychiatry, 157, 115–8.
Bryden, M.P. (1977). Measuring handedness with questionnaires.
Neuropsychologia, 15, 617–24.
Caravaggio, F., Plitman, E., Chung, J.K., et al. (2017). Trait impulsive-
ness is related to smaller post-commissural putamen volumes
in males but not females. European Journal of Neuroscience, 46,
2253–64.
Caseras, X., Àvila, C., Torrubia, R. (2003). The measurement
of individual differences in Behavioural Inhibition
and Behavioural Activation Systems: a comparison of
personality scales. Personality and Individual Differences, 34,
999–1013.
Chen, G., Cox, R.W., Glen, D.R., et al. (2019). A tail of two sides:
artificially doubled false positive rates in neuroimaging due
to the sidedness choice with t-tests. Human Brain Mapping, 40,
1037–43.
Cherbuin, N., Windsor, T.D., Anstey, K.J., et al. (2008). Hippocampal
volume is positively associated with behavioural inhibition
(BIS) in a large community-based sample of mid-life adults:
the PATH through life study. Social Cognitive and Affective Neu-
roscience, 3, 262–9.
Cho, S.S., Pellecchia, G., Aminian, K., et al. (2013). Morphometric
correlation of impulsivity in medial prefrontal cortex. Brain
Topography, 26, 479–87.
Clauss, J.A., Seay, A.L., VanDerKlok, R.M., et al. (2014). Structural
and functional bases of inhibited temperament. Social Cognitive
and Affective Neuroscience, 9, 2049–58.
Clithero, J.A., Rangel, A. (2014). Informatic parcellation of the
network involved in the computation of subjective value. Social
Cognitive and Affective Neuroscience, 9, 1289–302.
Coccaro, E.F., Cremers, H., Fanning, J., et al. (2018). Reduced frontal
grey matter, life history of aggression, and underlying genetic
influence. Psychiatry Research: Neuroimaging, 271, 126–34.
Coccaro, E.F., Fitzgerald, D.A., Lee, R., et al. (2016). Frontolimbic
morphometric abnormalities in intermittent explosive disor-
der and aggression. Biological Psychiatry: Cognitive Neuroscience
and Neuroimaging, 1, 32–8.
Cohn, M.D., Viding, E., McCrory, E., et al. (2016). Regional grey
matter volume and concentration in at-risk adolescents:
untangling associations with callous-unemotional traits and
conduct disorder symptoms. Psychiatry Research: Neuroimaging,
254, 180–7.
Corr, P.J. (2008). Reinforcement Sensitivity Theory (RST): intro-
duction. In: Corr, P.J., editor. The Reinforcement Sensitivity Theory
of Personality, Cambridge: Cambridge University Press, 1–43.
Corr, P.J., McNaughton, N. (2015). Neural mechanisms of
low trait anxiety and risk for externalizing behavior. In:
Beauchaine, P.J., Hinshaw, S.P., editors. The Oxford Handbook of
Externalizing Spectrum Disorders, New York: Oxford University
Press, 220–38.
Corr, P.J., McNaughton, N. (2012). Neuroscience and
approach/avoidance personality traits: a two stage (valuation–
motivation) approach. Neuroscience and Biobehavioral Reviews,
36, 2339–54.
De Bellis, M.D., Casey, B.J., Dahl, R.E., et al. (2000). A pilot study of
amygdala volumes in pediatric generalized anxiety disorder.
Biological Psychiatry, 48, 51–7.
Das, D., Cherbuin, N., Anstey, K.J., et al. (2012). Lifetime cigarette
smoking is associated with striatal volume measures. Addiction
Biology, 17, 817–25.
DeYoung, C.G., Hirsh, J.B., Shane, M.S., et al. (2010). Testing predic-
tions from personality neuroscience. Brain structure and the
big five. Psychological Science, 21, 820–8.
Etkin, A., Egner, T., Kalisch, R. (2011). Emotional processing in
anterior cingulate and medial prefrontal cortex. Trends in Cog-
nitive Sciences, 15, 85–93.
Etkin, A., Prater, K.E., Schatzberg, A.F., et al. (2009). Disrupted
amygdalar subregion functional connectivity and evidence
of a compensatory network in generalized anxiety disorder.
Archives of General Psychiatry, 66, 1361–72.
Eysenck, H.J. (1960). Experiments in Personality, London: Routledge
& Kegan Paul.
Fanselow, M.S., Dong, H.-W. (2010). Are the dorsal and ventral
hippocampus functionally distinct structures? Neuron, 65,
7–19.
Fowles, D.C. (1980). The three arousal model: implications of
Gray’s two-factor learning theory for heart rate, electrodermal
activity, and psychopathy. Psychophysiology, 17, 87–104.
Franken, I.H.A., Muris, P., Georgieva, I. (2006). Gray’s model of
personality and addiction. Addictive Behaviors, 31, 399–403.
Gray, J.A. (1982). The Neuropsychology of Anxiety: An Enquiry Into
the Functions of the Septo-Hippocampal System, Oxford: Oxford
University Press.
Gray, J.A. (1970). The psychophysiological basis of introversion-
extraversion. Behaviour Research and Therapy, 8, 249–66.
Gray, J.A., McNaughton, N.J. (2000). The Neuropsychology of Anxiety:
An Inquiry Into the Functions of the Septo-Hippocampal System, 2nd
edn, Oxford: Oxford University Press.
Hamilton, J.P., Siemer, M., Gotlib, I.H. (2008). Amygdala volume
in major depressive disorder: a meta-analysis of magnetic
resonance imaging studies. Molecular Psychiatry, 13, 993–1000.
J. A-V. et al. 337
Hasboun, D., Chantôme, M., Zouaoui, A., et al. (1996). MR determi-
nation of hippocampal volume: comparison of three methods.
AJNR. American Journal of Neuroradiology, 17, 1091–8.
Hayes, D.J., Duncan, N.W., Xu, J., et al. (2014). A comparison of
neural responses to appetitive and aversive stimuli in humans
and other mammals. Neuroscience and Biobehavioral Reviews, 45,
350–68.
Hiser, J., Koenigs, M. (2018). The multifaceted role of the ven-
tromedial prefrontal cortex in emotion, decision making,
social cognition, and psychopathology. Biological Psychiatry, 83,
638–47.
Hodes, G.E., Pfau, M.L., Purushothaman, I., et al. (2015). Sex differ-
ences in nucleus accumbens transcriptome profiles associated
with susceptibility versus resilience to subchronic variable
stress. Journal of Neuroscience, 35, 16362–76.
Holmes, A.J., Hollinshead, M.O., Roffman, J.L., et al. (2016). Indi-
vidual differences in cognitive control circuit anatomy link
sensation seeking, impulsivity, and substance use. Journal of
Neuroscience, 36, 4038–49.
Holmes, A.J., Lee, P.H., Hollinshead, M.O., et al. (2012). Individ-
ual differences in amygdala-medial prefrontal anatomy link
negative affect, impaired social functioning, and polygenic
depression risk. Journal of Neuroscience, 32, 18087–100.
Hoogman, M., Bralten, J., Hibar, D.P., et al. (2017). Subcortical
brain volume differences in participants with attention deficit
hyperactivity disorder in children and adults: a cross-sectional
mega-analysis. Lancet Psychiatry, 4, 310–9.
Howell, B.R., Grand, A.P., McCormack, K.M., et al. (2014). Early
adverse experience increases emotional reactivity in juvenile
rhesus macaques: relation to amygdala volume. Developmental
Psychobiology, 56, 1735–46.
Iidaka, T., Matsumoto, A., Ozaki, N., et al. (2006). Volume of left
amygdala subregion predicted temperamental trait of harm
avoidance in female young subjects. A voxel-based morphom-
etry study. Brain Research, 1125, 85–93.
Kaag, A.M., Schulte, M.H.J., Jansen, J.M., et al. (2018). The relation
between gray matter volume and the use of alcohol, tobacco,
cocaine and cannabis in male polysubstance users. Drug and
Alcohol Dependence, 187, 186–94.
Kim, M.J., Loucks, R.A., Palmer, A.L., et al. (2011). The structural
and functional connectivity of the amygdala: from normal
emotion to pathological anxiety. Behavioural Brain Research, 223,
403–10.
Kimbrel, N.A., Nelson-Gray, R.O., Mitchell, J.T. (2007). Rein-
forcement sensitivity and maternal style as predictors of
psychopathology. Personality and Individual Differences, 42, 1139–
49.
Koelsch, S., Skouras, S., Jentschke, S., et al. (2013). Neural
correlates of emotional personality: a structural and func-
tional magnetic resonance imaging study. PLoS One, 8, e77196.
Korponay, C., Dentico, D., Kral, T., et al. (2017). Neurobio-
logical correlates of impulsivity in healthy adults: lower
prefrontal gray matter volume and spontaneous eye-blink
rate but greater resting-state functional connectivity in basal
ganglia-thalamo-cortical circuitry. NeuroImage, 157, 288–96.
Kühn, S., Gallinat, J. (2014). Brain structure and functional con-
nectivity associated with pornography consumption. JAMA
Psychiatry, 71, 827.
Lange, C., Irle, E. (2004). Enlarged amygdala volume and reduced
hippocampal volume in young women with major depression.
Psychological Medicine, 34, 1059–64.
Lei, X., Chen, C., Xue, F., et al. (2014). Fiber connectivity between
the striatum and cortical and subcortical regions is associated
with temperaments in Chinese males. NeuroImage, 89, 226–34.
Levita, L., Bois, C., Healey, A., et al. (2014). The Behavioural Inhi-
bition System, anxiety and hippocampal volume in a non-
clinical population. Biology of Mood & Anxiety Disorders, 4, 4.
Maack, D.J., Tull, M.T., Gratz, K.L. (2012). Examining the incre-
mental contribution of behavioral inhibition to generalized
anxiety disorder relative to other Axis I disorders and
cognitive-emotional vulnerabilities. Journal of Anxiety Disorders,
26, 689–95.
Makris, N., Oscar-Berman, M., Jaffin, S.K., et al. (2008). Decreased
volume of the brain reward system in alcoholism. Biological
Psychiatry, 64, 192–202.
Matsuo, K., Nicoletti, M., Nemoto, K., et al. (2009). A voxel-based
morphometry study of frontal gray matter correlates of impul-
sivity. Human Brain Mapping, 30, 1188–95.
McNaughton, N., Corr, P. (2008). The neuropsychology of fear and
anxiety: a foundation for Reinforcement Sensitivity Theory. In:
Corr, P.J., editor. The Reinforcement Sensitivity Theory of Personality,
Cambridge: Cambridge University Press, 44–94.
McNaughton, N., Corr, P.J. (2004). A two-dimensional neuropsy-
chology of defense: fear/anxiety and defensive distance. Neu-
roscience and Biobehavioral Reviews, 28, 285–305.
Mitchell, J.T., Nelson-Gray, R.O. (2006). Attention-
Deficit/Hyperactivity Disorder symptoms in adults:
relationship to Gray’s Behavioral Approach System. Personality
and Individual Differences, 40, 749–60.
Mohammadi, B., Hammer, A., Miedl, S.F., et al. (2016). Intertem-
poral choice behavior is constrained by brain structure in
healthy participants and pathological gamblers. Brain Structure
and Function, 221, 3157–70.
Montag, C., Markowetz, A., Blaszkiewicz, K., et al. (2017). Facebook
usage on smartphones and gray matter volume of the nucleus
accumbens. Behavioural Brain Research, 329, 221–8.
Moreno-López, L., Catena, A., Fernández-Serrano, M.J., et al.
(2012). Trait impulsivity and prefrontal gray matter reductions
in cocaine dependent individuals. Drug and Alcohol Dependence,
125, 208–14.
Newman, J.P., MacCoon, D.G., Vaughn, L.J., et al. (2005). Validating a
distinction between primary and secondary psychopathy with
measures of Gray’s BIS and BAS constructs. Journal of abnormal
psychology, 114, 319–23.
Newman, J.P., Wallace, J.F. (1993). Diverse pathways to deficient
self-regulation: implications for disinhibitory psychopathol-
ogy in children. Clinical Psychology Review, 13, 699–720.
Nigg, J.T. (2001). Is ADHD a disinhibitory disorder? Psychological
bulletin, 127, 571–98.
Oldfield, R.C. (1971). The assessment and analysis of handed-
ness: the Edinburgh inventory. Neuropsychologia, 9, 97–113.
Panizzon, M.S., Fennema-Notestine, C., Eyler, L.T., et al. (2009).
Distinct genetic influences on cortical surface area and
cortical thickness. Cerebral Cortex, 19, 2728–35.
Pardini, D.A., Raine, A., Erickson, K., et al. (2014). Lower amygdala
volume in men is associated with childhood aggression, early
psychopathic traits, and future violence. Biological Psychiatry,
75, 73–80.
Pavlov, I.P. (1941). Lectures on Conditioned Reflexes. Volume 2: Condi-
tioned Reflexes and Psychiatry, London: Lawrence & Wishart.
Perkins, A.M., Kemp, S.E., Corr, P.J. (2007). Fear and anxiety as sep-
arable emotions: an investigation of the revised reinforcement
sensitivity theory of personality. Emotion, 7, 252–61.
Pickering, A.D., Gray, J.A. (2001). Dopamine, appetitive reinforce-
ment, and the neuropsychology of human learning: an individ-
ual differences approach. In: Elias, A., Angleitner, A., editors.
Advances in Individual Differences Research, Lengerich: PABST
Science Publishers, 113–49.
338 Social Cognitive and Affective Neuroscience, 2019, Vol. 14, No. 3
Pinto-Meza, A., Caseras, X., Soler, J., et al. (2006). Behavioural
Inhibition and Behavioural Activation Systems in current and
recovered major depression participants. Personality and Indi-
vidual Differences, 40, 215–26.
Qin, S., Young, C.B., Duan, X., et al. (2014). Amygdala subregional
structure and intrinsic functional connectivity predicts indi-
vidual differences in anxiety during early childhood. Biological
Psychiatry, 75, 892–900.
Quay, H.C. (1988). The behavioral reward and inhibition
systems in child behavior disorder. In: Bloomingdale, L.M.,
editor. Attention Deficit Disorder. Volume 3: New Research in Atten-
tion, Treatment, and Psychopharmacology, New York: Pergamon,
176–86.
Ridderinkhof, K.R., Ullsperger, M., Crone, E.A., et al. (2004). The
role of the medial frontal cortex in cognitive control. Science,
306, 443–7.
Rogers, J.C., De Brito, S.A. (2016). Cortical and subcortical gray
matter volume in youths with conduct problems. JAMA Psy-
chiatry, 73, 64.
Schienle, A., Ebner, F., Schäfer, A. (2011). Localized gray matter
volume abnormalities in generalized anxiety disorder. Euro-
pean Archives of Psychiatry and Clinical Neuroscience, 261, 303–7.
Schilling, C., Kühn, S., Romanowski, A., et al. (2012). Cortical
thickness correlates with impulsiveness in healthy adults.
NeuroImage, 59, 824–30.
Sher, K.J., Trull, T.J. (1994). Personality and disinhibitory psy-
chopathology: alcoholism and antisocial personality disorder.
Journal of Abnormal Psychology, 103, 92–102.
Slobodskaya, H.R. (2016). The contribution of reinforcement
sensitivity to the personality-psychopathology hierarchical
structure in childhood and adolescence. Journal of Abnormal
Psychology, 125, 1067–78.
Smoller, J.W., Gallagher, P.J., Duncan, L.E., et al. (2014). The human
ortholog of acid-sensing ion channel gene ASIC1a is associated
with panic disorder and amygdala structure and function.
Biological Psychiatry, 76, 902–10.
Tebartz van Elst, L., Woermann, F., Lemieux, L., et al. (2000).
Increased amygdala volumes in female and depressed
humans. A quantitative magnetic resonance imaging study.
Neuroscience Letters, 281, 103–6.
Torrubia, R., Avila, C., Caseras, X. (2008). Reinforcement sensi-
tivity scales. In: Corr, P.J., editor. The Reinforcement Sensitivity
Theory of Personality, New York: Cambridge University Press,
188–226.
Torrubia, R., Ávila, C., Moltó, J., et al. (2001). The Sensitivity to
Punishment and Sensitivity to Reward Questionnaire (SPSRQ)
as a measure of Gray’s anxiety and impulsivity dimensions.
Personality and Individual Differences, 31, 837–62.
van Eijndhoven, P., van Wingen, G., van Oijen, K., et al. (2009).
Amygdala volume marks the acute state in the early course
of depression. Biological Psychiatry, 65, 812–18
Vassilopoulou, K., Papathanasiou, M., Michopoulos, I., et al.
(2013). A magnetic resonance imaging study of hippocampal,
amygdala and subgenual prefrontal cortex volumes in major
depression subtypes: melancholic versus psychotic depres-
sion. Journal of Affective Disorders, 146, 197–204.
Vieira, J.B., Ferreira-Santos, F., Almeida, P.R., et al. (2015).
Psychopathic traits are associated with cortical and subcorti-
cal volume alterations in healthy individuals. Social Cognitive
and Affective Neuroscience, 10, 1693–704.
Wang, Q., Chen, C., Cai, Y., et al. (2016). Dissociated neural
substrates underlying impulsive choice and impulsive action.
NeuroImage, 134, 540–9.
Wang, S., Kong, F., Zhou, M., et al. (2017). Brain structure linking
delay discounting and academic performance. Human Brain
Mapping, 38, 3917–26.
Watson, C., Andermann, F., Gloor, P., et al. (1992). Anatomic basis
of amygdaloid and hippocampal volume measurement by
magnetic resonance imaging. Neurology, 42, 1743–50.
Wierenga, L.M., Bos, M.G.N., Schreuders, E., et al. (2018). Unravel-
ing age, puberty and testosterone effects on subcortical brain
development across adolescence. Psychoneuroendocrinology, 91,
105–14.
Yang, X., Tian, F., Zhang, H., et al. (2016). Cortical and subcorti-
cal gray matter shrinkage in alcohol-use disorders: a voxel-
based meta-analysis. Neuroscience and Biobehavioral Reviews, 66,
92–103.
Yang, Y., Raine, A., Narr, K.L., et al. (2009). Localization of defor-
mations within the amygdala in individuals with psychopathy.
Archives of General Psychiatry, 66, 986–94.
Yao, Y.-W., Liu, L., Ma, S.-S., et al. (2017). Functional and struc-
tural neural alterations in Internet gaming disorder: a system-
atic review and meta-analysis. Neuroscience and Biobehavioral
Reviews, 83, 313–24.
